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The brain’s analyses of speech and music share a range of neural resources and
mechanisms. Music displays a temporal structure of complexity similar to that of speech,
unfolds over comparable timescales, and elicits cognitive demands in tasks involving
comprehension and attention. During speech processing, synchronized neural activity
of the cerebral cortex in the delta and theta frequency bands tracks the envelope of
a speech signal, and this neural activity is modulated by high-level cortical functions
such as speech comprehension and attention. It remains unclear, however, whether
the cortex also responds to the natural rhythmic structure of music and how the
response, if present, is influenced by higher cognitive processes. Here we employ
electroencephalography to show that the cortex responds to the beat of music and that
this steady-state response reflects musical comprehension and attention. We show that
the cortical response to the beat is weaker when subjects listen to a familiar tune than
when they listen to an unfamiliar, non-sensical musical piece. Furthermore, we show that
in a task of intermodal attention there is a larger neural response at the beat frequency
when subjects attend to a musical stimulus than when they ignore the auditory signal
and instead focus on a visual one. Our findings may be applied in clinical assessments
of auditory processing and music cognition as well as in the construction of auditory
brain-machine interfaces.
Keywords: auditory neuroscience, auditory cognition, auditory cortex, music processing, cortical response,
cortical oscillations, auditory attention
Introduction
Speech and music are fundamental forms of human communication (Juslin and Laukka, 2003).
Humans possess the unique ability to analyze and comprehend speech andmusic with a remarkable
degree of sophistication: we can understand a particular speaker even in a noisy environment with
many other simultaneous conversations, and trained musicians can focus on a single instrument
in an orchestral performance. The human ability to parse such complex acoustic scenes greatly
exceeds that of current technology: speech-recognition systems, for instance, do well when
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following a single voice in a quiet environment but performmuch
worse when background noise is present.
The analyses of speech and music in the brain have recently
been shown to share important neural resources (Patel, 2003,
2007; Koelsch et al., 2004; Koelsch, 2005; Sturm et al., 2014).
Studies using magnetoencephalography (MEG) and functional
magnetic resonance imaging (fMRI) found that unexpected
and irregular chords activate Broca’s area as well as posterior
temporal regions of the cortex (Maess et al., 2001; Koelsch
et al., 2002, 2005; Tillmann et al., 2003). Investigations through
fMRI as well as positron emission tomography (PET) have
further identiﬁed cortical areas such as the superior and the
transverse temporal gyri that are involved in the comprehension
of music (Parsons, 2001; Morrison et al., 2003). These cortical
areas are also crucially involved in the processing of language
(Friederici, 2002; Bear et al., 2007). The underlying neural
mechanisms through which the brain processes speech andmusic
and by means of which it can selectively attend to a certain
auditory signal despite background noise, however, remain
largely unknown. A better understanding of these mechanisms
could inspire technology for auditory-signal processing and could
provide insight into the causes and potential treatments of
auditory-processing disorders. Many elderly people, for instance,
have diﬃculty with understanding speech in the presence of
noise (Gordon-Salant and Fitzgibbons, 1993). This problem
often results from impairment in the neural pathways that
are responsible for auditory processing. Furthermore, 4% of
people suﬀer from congenital amusia, a brain disorder in the
processing of music (Ayotte et al., 2002; Henry and Mcauley,
2010). Amusia can also be acquired through brain damage.
The speciﬁcs of such impairments, however, require further
research.
Studies on the neural mechanism of auditory processing
often employ simple acoustical signals. Important examples
include amplitude-modulated pure tones, for which it has been
shown that the neural activity of the cerebral cortex responds
at the frequency of amplitude modulation (Hall, 2007). Whether
attention to the auditory signal inﬂuences this auditory steady-
state response (ASSR) remains debated: the magnitude of the
response has been found to be modulated by attention in
some studies (Ross et al., 2004; Skosnik et al., 2007; Müller
et al., 2009) although other investigations have failed to detect
such an eﬀect (Linden et al., 1987; Skosnik et al., 2007; Saupe
et al., 2009; Deng and Srinivasan, 2010). Electroencephalographic
(EEG) experiments on intermodal attention, however, have
revealed that attention to a frequency-tagged auditory stimulus
as compared to attention to a visual stimulus may enhance
the cortical response to the amplitude-modulated auditory
input (Saupe et al., 2009; de Jong et al., 2010; Gander et al.,
2010).
Recent studies have begun to investigate the ASSR in
connection with more complex, naturalistic auditory signals.
Speciﬁcally, an EEG experiment found that amplitude-modulated
speech elicits an ASSR, and that the strength of the signal
in the left temporal region of the cortex was stronger for
unintelligible reversed speech than for intelligible forward speech
(Deng and Srinivasan, 2010). Another recent study used MEG
to show that amplitude-modulated music elicits an ASSR as
well (Lamminmäki et al., 2014). It remains unclear, however,
whether this response is modulated by the comprehension
of music or by attention, and whether it can be measured
by EEG, a more clinically applicable measurement technique.
Moreover, the participants of the study found that amplitude
modulation disrupted the quality of the music (Lamminmäki
et al., 2014).
Other authors have used the event-related potential (ERP),
that is, the brain’s response to a brief stimulus, to investigate
auditory processing. The mismatch negativity, for instance, is
a component of the ERP that occurs in response to a deviant
stimulus in a sequence of otherwise similar stimuli (Hall, 2007;
Näätänen et al., 2007). Recent studies found that the mismatch
negativity is enhanced when a deviant sounds occurs among
a sequence of familiar sounds rather than during a sequence
of unfamiliar time-reversed sounds and that it is stronger for
a deviant familiar sound then for a deviant unfamiliar sound
when both occur among the same frequently presented stimuli
(Jacobsen et al., 2005; Beauchemin et al., 2006). The mismatch
negativity may be modulated by the familiarity of music as well:
deviant stimuli consisting of familiar pitch changes elicit a greater
response than stimuli with unfamiliar pitch changes (Brattico
et al., 2001). It remains unclear, however, how more complex
features such as comprehension of a whole musical tune or
attention to it can be decoded from the listening brain.
Here we investigate the brain’s steady-state response to
naturalistic music and how the neural response can represent
music comprehension and attention to music. We inquire
speciﬁcally whether non-invasive, clinically applicable EEG
recordings of the neural response to continuous music allow
assessments of subjects’ comprehension of a musical piece and of
their attention to the music. Quantiﬁcation of musical cognition
from single-trial EEG measurements could lead to an objective
assessment of amusia. It could also inspire brain-computer
interfaces that employ a subject’s attention to communicate a
choice or command. Because such clinical applications are likely
to employ wearable EEG systems with few channels, we also
explored how reliable information on music cognition could be
obtained from only a few electrodes (Bonato, 2003; Casson et al.,
2008).
Recent studies have demonstrated that delta- and theta-band
cortical oscillations, which occur at respectively 0.5–4 and 4-7 Hz,
provide information regarding speech processing. The rate of
syllables and words in speech lies in the delta and theta frequency
ranges, and neural oscillations in those frequency bands entrain
to the envelope of a speech signal to which a person attends
(Ding and Simon, 2012; Power et al., 2012; Horton et al., 2013;
Peelle et al., 2013; Zion Golumbic et al., 2013). The neural
entrainment to the envelope is stronger for an attended speech
stream then for an unattended one (Horton et al., 2013) and
may be stronger for an intelligible than for an unintelligible
speech signal (Peelle et al., 2013; Ding and Simon, 2014; Ding
et al., 2014). We investigated whether the cortical response to
the natural rhythm of music analogously signals attention to
and comprehension of music. Because the beat and meter of
music typically lie in the frequency range of 1-7 Hz (Krumhansl,
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2000; Justus and Bharucha, 2002; Large, 2008), we focused on
the cortical response to rhythmic structure in the delta and theta
frequency bands. Recent studies have shown that delta- and theta-
band cortical oscillations synchronize to the beat and meter of
simpliﬁed rhythmic stimuli (Nozaradan et al., 2011, 2012; Cong
et al., 2013). This neural response is a promising candidate for
reﬂecting the cognition of music.
Because the beat frequency is prominent in the envelope of
a musical signal, the neural response to it can be viewed as an
ASSR. This response is elicited by the beat of naturalistic music
itself, so the perception of the naturalistic music that we employ
here is not distorted by a superimposed amplitude modulation.
This type of stimulus is accordingly well suited for studying the
brain’s processing of music.
Materials and Methods
Participants
Eight young adult volunteers with normal hearing, of ages 20–
30, right-handed, with no history of hearing or neurological
problems, and without professional musical training, participated
in the experiments. Six of the subjects were male and two
female. Each participant underwent two 30-min EEG recordings
on separate days that were typically spread over 2 weeks. All
experimental methods were approved by the Imperial College
Research Ethics Committee and all participants gave written
informed consent before the experiment.
Musical Pieces
Using the software Sibelius (Avid Technology, USA), we
generated four melodies adapted from the main musical
themes of Für Elise (Ludwig van Beethoven), Eine Kleine
Nachtmusik (Wolfgang Amadeus Mozart), Ode To Joy (Ludwig
van Beethoven, excerpt from the Ninth Symphony) and Twinkle
Twinkle Little Star (popular English lullaby). They are referenced
by the acronyms FE, EKN, OTJ, and TT, respectively. Each piece
was edited to contain only a single melodic line without any
accompaniment. The beat frequency was set to 6 Hz. The pieces
were further manipulated such that one note occurred at every
beat (Figure 1A). All pieces had notes centered within the same
octave range and lasted two minutes. Despite the editing, the four
musical tunes remained highly recognizable.
We then created scrambled versions of each musical piece by
dividing the musical score into segments that ranged randomly
from two to six notes in length, then randomly rearranging these
FIGURE 1 | The cortical response to the beat of music. (A) Three bars from
the musical score of a musical piece (OTJ, top) may be contrasted with its
scrambled version (bottom). Note that the randomization occurs over the whole
length of the musical piece, and not only over the three bars that are shown
here. The notes in the first three bars of the musical piece are thus not all
identical to those in the first three bars of the scrambled version. (B) The
amplitude spectra of the envelope of a musical piece (FE, blue) and its
scrambled version (red) show the same magnitudes at the beat frequency and
its higher harmonics. Deviations between the two spectra are well below the
noise (shaded areas denote the SEM). (C) The amplitude spectrum from a
frontal channel in a representative subject in response to an attended musical
piece contained a large response at the beat frequency fb (6 Hz). (D) The
response at the beat frequency was largest in the frontal area and smallest at
the occipital pole. The scalp topographic map displays the amplitude of the
electroencephalography (EEG) responses at the beat frequency in response to
an attended musical piece, averaged over all subjects and trials.
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sections (Figure 1A). Randomization was implemented through
a custom-written MATLAB program that operated on an XML
ﬁle generated in Sibelius. We veriﬁed that the randomization
process retained the low-level structure of the tunes through
two diﬀerent approaches. The ﬁrst approach, and one which
is important in comparing the brain’s response to the beat of
music, consisted of verifying that the amplitude spectra of the
envelope of each musical piece and its randomized version were
identical (Figure 1B). To this end we computed the envelope
of the diﬀerent musical pieces through a Hilbert transform. The
amplitude spectrum and associated uncertainty were computed
by dividing each two-minute envelope into 120 one-second
segments, computing the frequency spectrum for every segment,
and therefrom calculating the mean and SEM. We veriﬁed that
the deviations between the amplitude spectra of the envelope
of the musical tunes and their randomized versions were small
and within the noise. Second, we investigated the frequency
interval between two successive notes, divided by the frequency
of the lower tone (pitch change). The mean of the relative pitch
change between two neighboring tones was between 0.15 and
0.22 with a SD between 0.02 and 0.04. There was no statistically
signiﬁcant diﬀerence in the pitch changes between a musical tune
and its scrambled versions (p-values of two-tailed Student’s t-tests
were 0.13 or higher). Despite these statistical similarities, subjects
conﬁrmed that the scrambled musical pieces were non-sensical
and unrecognizable. Examples of an excerpt from a musical piece
and its scrambled version are shown in Figure 1A.
Experimental Design
In the ﬁrst experiment we tested diﬀerences in the neural
response to the musical pieces and their scrambled counterparts.
Subjects listened to the musical pieces as well as their scrambled
versions while visually ﬁxating at a stationary position. The
experiment was divided into four trials. In each trial two EEG
recordings, each two minutes in duration, were acquired. One
recording was made during the presentation of a musical piece
and the other recording during the presentation of the tune’s
corresponding scrambled version. Whether the musical piece or
the scrambled version was presented ﬁrst was chosen at random.
Each of the four trials employed a diﬀerent musical piece and is
referred to by the name of this piece in the following. The order of
the presentation of the pieces was randomized between subjects.
Subjects were asked whether they recognized the tunes to ensure
that they were familiar with the melodies.
In the second experiment we tested attention-mediated eﬀects
on the cortical response to music. Subjects were presented with
music streams and a printed excerpt from a novel. Again we
performed four trials for every subject. During every trial subjects
listened to a diﬀerent musical piece, and subsequently the trial
was referred to by the name of that piece. We randomized the
order of the presentation of the musical pieces. In each trial,
two EEG recordings lasting two minutes apiece were acquired.
During one recording a subject was asked to attend the music
and ignore the text, whereas for the other presentation the subject
was instructed to read the text and disregard the music. Such
an approach has been employed previously to identify an eﬀect
of attention on the auditory response to short tones (Tiitinen
et al., 1993). The two tasks were presented in a random order.
Diﬀerent texts were used in the diﬀerent trials to ensure maximal
attention. Attention to the musical piece was veriﬁed through
inquiring whether subjects recognized the tune, and attention
to the text was veriﬁed through comprehension questions. All
subjects answered these questions satisfactorily.
EEG Recordings
We used scalp electrodes to measure the cortical responses of
volunteers to music. To ensure attention and avoid distraction,
each subject sat in a comfortable chair in a quiet room and was
asked to keep his or her eyes open and ﬁxated on an object
straight ahead. Monopolar EEG signals were acquired using a
biosignal ampliﬁer (g.BSamp), active electrodes (g.LADYbird),
a passive ground electrode (g.LADYbirdGND), and an Ag/AgCl
active earclip electrode (g.GAMMAearclip; Guger Technologies,
Austria). The analog voltage signals were band-pass ﬁltered
between 0.1 and 100 Hz and ampliﬁed by a factor of 10,000. We
recorded from 13 electrodes that were positioned at Fpz, F5, Fz,
F6, T7, C3, Cz, C4, T8, P5, Pz, P6, and Oz (10/10 conﬁguration)
with the right earlobe as reference. Before recording we
conﬁrmed that each electrode’s connection to the scalp had an
impedance below 25 k. Data were acquired at a sampling rate
of 1000 s−1 with a data-acquisition card (PCI 6221, National
Instruments, USA) and a program custom-written in MATLAB
(MathWorks, USA). The program also provided the subjects with
musical signals that were synchronized with the EEG recordings.
Music was presented through electrically shielded earphones
(hf5, Etymotic, USA) at a comfortable root mean square sound
pressure level of 75 dB SPL. The sound intensity was calibrated
with a microphone (ECM8000, Behringer, Germany).
EEG Signal Analysis
Electroencephalography recordings were initially assessed for
artifacts such as short, large-amplitude spikes. Recordings with
a moderate or large number of artifacts were discarded and the
corresponding experiment was repeated. For every channel we
then computed the complex Fourier spectrum of the voltage
time series. We extracted the amplitude and phase of the Fourier
component at the beat frequency (6 Hz). We then selected beat-
responsive channels, that is, channels that had an amplitude at the
beat frequency that signiﬁcantly exceeded those at neighboring
frequencies. To determine signiﬁcance, we computed the mean
and SD of the amplitudes at frequencies of 5–7 Hz, excluding
the beat frequency. If the amplitude at the beat frequency
exceeded the mean over the neighboring frequencies by more
than two SDs, we denoted the channel as beat-responsive. For all
recordings with the exception of one trial, signiﬁcant responses
emerged at the beat frequency. The trial without signiﬁcant
responses was for Subject 6 in response to the stimulus ‘TT’;
this trial was discarded. Scalp topographic maps of the EEG
voltage amplitude at the beat frequency were produced with
the open-source Matlab toolbox EEGLab (Delorme and Makeig,
2004).
We computed the average amplitude and phase at the beat
frequency, as well as the corresponding SEM, over all beat-
responsive channels. To this end we computed the average time
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series from beat-responsive channels. We divided each two-
minute time series into 120 segments. The Fourier transform of
each segment was calculated and the complex Fourier coeﬃcient
at the beat frequency extracted. From the complex coeﬃcients
of all segments we computed the average amplitude at the beat
frequency as well as the SEM. We also conducted a one-sample
Kolmogorov–Smirnov test on the complex Fourier coeﬃcients
for each of the diﬀerent segments to conﬁrm that the data
originated from standard normal distributions. This procedure
validated the use of Student’s t-tests for the comparison of EEG
responses.
We checked for stimulus artifacts by recording the EEG
response when the earphones were activated near the ear but not
inserted into the ear canal. A subject could then not perceive the
music and the response at the beat frequency was absent from the
EEG recording.
Statistical Analysis
For the ﬁrst experiment we compared the EEG response to a
musical piece with the response to its scrambled version. For the
second experiment we compared the EEG response to a musical
piece for a subject when attending the music to that during
reading of text. In both cases we investigated diﬀerences in the
EEG amplitudes at the beat frequency, averaged over all beat-
responsive channels. We then assessed the statistical signiﬁcance
of the diﬀerences on three levels: individual trials, individual
subjects, and the population.
At the level of individual trials we investigated whether
statistically signiﬁcant results could be obtained from single
trials, which is important for a potential use in brain–computer
interfaces and medical diagnostics. We used a paired two-sample
Student’s t-test to assess whether any diﬀerence in the average
amplitude from the two EEG responses of a single trial was
statistically signiﬁcant.
The level of individual subjects indicates whether statistically
signiﬁcant diﬀerences can be obtained from all trials with a
single subject, which is necessary for the use of this method in
clinical assessments. For each subject we computed the mean
and the SEM of the diﬀerence in the response between the
two conditions. Through a one-tailed one-sample Student’s t-test
we then determined the statistical signiﬁcance of the mean’s
exceeding zero for music comprehension or being smaller than
zero for attention.
At the population level we explored whether the averages
of the response diﬀerences across subjects were statistically
signiﬁcant and thus whether there was a consistent population
behavior. We computed the mean and SEM of the diﬀerences in
responses from all subjects. We employed one-tailed, one-sample
Student’s t-tests to determine whether the averaged diﬀerences
in the responses were signiﬁcantly larger than zero for music
comprehension or smaller than zero for attention.
Statistical Classification
To explore a potential use of our recording paradigms for the
clinical assessment of auditory processing and music cognition
and in brain–machine interfaces, we sought to determine whether
we could employ techniques frommachine learning to accurately
classify the cortical responses.
For classiﬁcation we considered the EEG amplitude at the
beat frequency for the diﬀerent individual channels as potential
features. We investigated the results from single trials as well
as from the average over all four trials with a given subject.
Because the activity of the cerebral cortex can change over time
and baseline values in EEG recordings can accordingly shift,
we computed the diﬀerence in the amplitudes at each electrode
between the paired recordings in each trial. For the experiment
on music comprehension we computed the diﬀerence between
the EEG responses to a scrambled musical piece and those to
the original tune. For the experiment on attention we computed
the diﬀerence in the EEG responses during reading of the text to
that during listening to the music. In both cases, these diﬀerences
constituted one category of data. A second category was obtained
by inverting the sign of the obtained diﬀerences. The second
category thus contained the diﬀerence between the EEG response
to a musical piece and that to its scrambled version or the
diﬀerence between the EEG response during listening to the
music and that during reading of the text.
We sought to classify both categories through supervised
learning (McLachlan, 2004; Lotte et al., 2007). We ﬁrst reduced
the number of features from the original 14 through a genetic
algorithm, the forward stepwise-regression model (Mitchell,
1998). This method identiﬁes the most informative features using
a greedy selection approach. We then applied linear discriminant
analysis (LDA), a statistical method that ﬁts amultivariate normal
distribution to each class, with a pooled estimate of covariance,
and ﬁnds the best linear separator. To ﬁnd a classiﬁer that
was maximally robust to inter-trial variations, the classiﬁer was
trained on the data from the individual trials. We used cross-
validation with 100 iterations. In each iteration, the data were
divided into 10 partitions. The classiﬁer was then successively
trained on 9 of the 10 partitions and was tested on the remainder.
This classiﬁer was then also tested on the data obtained from
averaging over the four trials from each subject.
Results
We found that EEG responses reliably tracked the beat frequency
of a melodic stimulus (Figure 1B). The measured response to
the beat was largest in the frontal, fronto-parietal, and central
scalp areas; smaller in the temporal and parietal areas; and
smallest in the occipital area (Figure 1C). Over the frontal
area, for instance, the EEG response obtained from a two-
minute recording was typically more than ﬁvefold as great as the
responses at neighboring frequencies. Eleven of the 13 channels
most often had responses at the beat frequencies that signiﬁcantly
exceeded those at neighboring frequencies; we denote these as
beat-responsive channels. The EEG response to the beat is thus
a reliable marker for the cortical response to the musical stimuli.
Comprehension of Music
We investigated whether the EEG response to the beat can
signal the comprehension of music. To this end we created four
Frontiers in Human Neuroscience | www.frontiersin.org 5 August 2015 | Volume 9 | Article 436
Meltzer et al. Cortical response to music
segments of familiar tunes. For each piece we then produced
a scrambled version in which segments of notes were shuﬄed.
The envelopes of the scrambled versions had the same frequency
spectra as those of the original pieces; in particular, they had
the same beat amplitude (Figure 1B). Moreover, the scrambled
versions had the same pitch changes as the original tunes. The
musical tunes and their scrambled counterparts thus agreed in
their low-level structure, but diﬀered regarding their high-level
content: the scrambled pieces lacked a recognizable tune and
were non-sensical. EEG recordings were obtained from four trials
during each of which a subject listened to one of the four musical
pieces as well as to its scrambled version.
We ﬁrst investigated the average over the signals at beat-
responsive channels. We found that, at the population level, the
EEG response at the beat frequency was signiﬁcantly smaller
(p < 0.05) during listening to the musical piece than during
listening to the scrambled version of the musical piece (Figure 2).
This result similarly emerged when investigating individual
subjects: every subject had a smaller response to the musical tune
than to its scrambled version, and the diﬀerence was statistically
signiﬁcant (p < 0.05) for all subjects except for one who had
a diﬀerence on the verge of signiﬁcance (p ≈ 0.05). Moreover,
statistically signiﬁcant diﬀerences in the neural responses could
be obtained from about half of the individual trials.
We then sought to identify which of the EEG channels or
which combination of channels was most informative regarding
the comprehension of music. Although the topographic response
across the scalp was similar in subjects in response to both
the normal and scrambled musical pieces (Figures 1D and
3A), and although all scalp regions had on average a stronger
response to the beat of scrambled music than to the original
tunes, the diﬀerences were largest in the central and frontal areas
FIGURE 2 | Cortical responses to musical pieces and their scrambled
versions. For eight subjects, we show the EEG responses at the beat
frequency during listening to musical pieces (black) and to their scrambled
versions (red). The EEG responses are the averages over the signals of the
beat-responsive channels. Each subject experienced four trials with distinct
musical pieces, abbreviated as FE, EKN, OTD, and TT. Error bars denote the
SEM. The differences in the response were statistically significant in about
half of the trials (∗p < 0.05; ∗∗p < 0.01; ∗∗∗p < 0.001). The average
differences in the EEG responses at the level of individual subjects were
significant in all but one subject (blue). The population average—that is, the
differences in EEG responses averaged over all subjects—was significantly
positive as well (green).
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FIGURE 3 | Classification of the neural responses to musical pieces
and their scrambled versions. (A) The EEG response to scrambled musical
tunes, at the beat frequency, was greatest near the frontal and central areas.
We show the average of the amplitude over all trials and subjects. (B) The
frontal and central areas also exhibited the largest difference in EEG amplitude
at the beat frequency upon comparison of the response to a musical piece
with that to its scrambled version. We show the differences between the
cortical response to random musical stimuli and to the original musical tunes,
averaged over all trials and all subjects. (C) The category of the response
difference between a scrambled musical piece and its original version (red
circles) could be distinguished from the category of the inverse differences,
namely the difference in the response to a musical piece and its random
counterpart (black squares), based on the single trials from all subjects. Highly
accurate discrimination (black line) of the two categories was achieved by the
EEG response at the beat frequency at the frontal channels Fz and F6.
(D) The classification was completely accurate when we considered the
averages over all four trials from a given subject.
(Figure 3B). This result suggests that a few channels suﬃce to
discriminate successfully between the perception of a familiar
musical tune and that of an unrecognizable, non-sensical musical
piece.
We next attempted to classify the EEG responses according
to music comprehension on the basis of only a few EEG
channels. We assembled the EEG responses into two categories.
The ﬁrst category was the diﬀerence in the EEG amplitude
at the beat frequency during listening to a scrambled musical
piece and that for its original version. The second category
was the inverse diﬀerence. Because brain activity and thus EEG
recordings can change over time, we employed these diﬀerences
instead of directly using the EEG responses to the musical
stimuli. The eﬀects of non-stationarity largely disappeared when
we considered the diﬀerences in the brain activity for paired
recordings that were obtained successively.
We then applied supervised machine learning to identify
which channels could best discriminate the two categories and
used those channels for classiﬁcation. We found that both
categories could be reliably diﬀerentiated, based on the individual
trials from all subjects, with only two features, the EEG responses
at channels Fz and F6 (Figure 3C). These two features alone
correctly classiﬁed about 92% of the trials. Moreover, at the
level of individual subjects, the classiﬁcation accuracy was 100%
(Figure 3D).
Attention to Music
We also investigated the attentional response to the beat of music.
Subjects were presented with both a musical stimulus and a
printed excerpt from a novel (Tiitinen et al., 1993). We conducted
four trials with the four diﬀerent musical pieces. During each trial
subjects listened to two presentations of the same musical piece.
For one trial they attended to the music whereas for the other they
ignored the musical stimuli and read the text.
In order to investigate auditory attention to the musical
input, we averaged the neural responses to the beat over the
EEG channels with signiﬁcant responses to the beat (Figure 4).
We found that, at the population level, the EEG response at
the beat was signiﬁcantly smaller when ignoring the music
than when attending to it. We observed the same behavior for
every subject: the average diﬀerence in the responses between
ignoring and attending the music was negative for every subject
and signiﬁcantly below zero for all but one, whose response
approached statistical signiﬁcance (p ≈ 0.05). At the level of
individual trials, we likewise found that, for 27 of the 32 trials, the
amplitude was smaller when ignoring the music. The diﬀerences
were statistically signiﬁcant in about half of the trials.
We ﬁnally investigated which scalp areas provided the
most important information regarding attention. The prefrontal,
frontal, and central channels provided the strongest response
to the beat of music both during attention to a musical
piece (Figure 1C) and when ignoring the musical piece
(Figure 5A). The central, frontal, and temporal regions were
particularly informative on attentional modulation of cortical
activity (Figure 5B). We therefore attempted to classify the EEG
responses corresponding to attending to or ignoring the music on
the basis of only a subset of EEG channels. As in the experiment
on music comprehension, we deﬁned two categories. The ﬁrst
was the diﬀerence in the EEG amplitudes at the beat frequency
between ignoring the musical stimulus and attending to it. The
second category was the inverse signal, that is, the diﬀerence in
the EEG response at the beat frequency between attending to the
music and ignoring it. We found that as few as two channels, F5
and T8, could classify about 88% of all individual trials correctly
(Figure 5C). Classiﬁcation was fully accurate when considering
the averages over all trials from individual subjects (Figure 5D).
Discussion
Our study shows that there is a reliable neural response to the
beat of a melody. Moreover, the experiment demonstrates that
the response is weaker for a familiar musical tune than for a
scrambled, non-sensical musical piece. The steady-state response
to the beat can thus reveal the comprehension of a familiar
musical tune. Our ﬁnding that a comprehended tune elicits a
weaker steady-state response than an unfamiliar one is similar to
a previous result on the ASSR evoked by amplitude-modulated
speech: the corresponding response in a subject’s left hemisphere
was weaker for intelligible than for unintelligible reversed speech
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FIGURE 4 | Cortical responses during attention. We recorded the EEG
responses of eight subjects, averaged over the beat-responsive channels, as
they either attended to a musical piece (black) or ignored it (red). The
difference in response between ignoring and attending was negative in
almost all of the trials, and statistically significant in about half of the trials
(∗p < 0.05; ∗∗p < 0.01; ∗∗∗p < 0.001). Error bars denote the SEM. At the
level of individual subjects, the average difference between the responses in
both conditions was always negative and almost always significant (blue).
The population average of the response difference was significantly negative
as well (green).
(Deng and Srinivasan, 2010). However, the neural response
to the beat of music does not show a hemispheric diﬀerence
(Figures 1D and 2).
Our experiment additionally demonstrates that attention
enhances the cortical response to music, which concurs with
several previous ﬁndings regarding the auditory ASSR (Ross et al.,
2004; Bidet-Caulet et al., 2007; Müller et al., 2009). However,
unlike the responses in previous studies using amplitude-
modulated pure tones, the attentional modulation of the neural
steady-state responses to the beat of music that we have described
here is not restricted to the left hemisphere but occurs equally in
both hemispheres.
The comprehension of music and attention can be inferred not
only from the population’s response but also from the responses
of individual subjects. Moreover, these cognitive processes can
be assessed with high accuracy from the individual trials of a
single subject. These assessments can be achieved with only a
few selected EEG channels identiﬁed through machine-learning
techniques. Because music comprehension and attention can be
determined reliably from a few minutes of EEG recordings, from
a few electrodes, and in a single subject, our paradigms have
potential clinical applications. In particular, it will be interesting
to assess auditory processing and music cognition in individuals
with diﬀerent forms of amusia and to determine how their
cortical responses to familiar and to non-sensical musical tunes
diﬀer from the responses of control subjects (Schuppert et al.,
2000; Samson et al., 2001; Peretz and Coltheart, 2003). This
approach may allow the classiﬁcation of diﬀerent forms of amusia
and an assessment of speciﬁc brain impairments (Musiek and
Chermak, 2009).
Our results might also be applied in novel auditory brain–
machine interfaces. As an example, paralyzed patients might
beneﬁt from an interface activated by attention to music.
A patient might answer a binary question by attending or
not attending to a musical segment. Furthermore, an auditory
brain–machine interface based on the cognition of music could
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FIGURE 5 | Neural responses to the beat in music during an attention
task. (A) The frontal and central areas had the strongest response to the beat
of music when ignoring the music. We show the average amplitudes over all
trials and subjects. (B) Averaged across all trials and subjects, the difference
in EEG amplitude at the beat frequency for attending to the music vs. ignoring
it was largest in the central area. (C) The category of differences in the EEG
responses between ignoring the music and attending to it (red circles) and the
category of the inverse differences (black squares) could be differentiated with
only two channels, F5 and T8. The class boundary (black line) was found
through linear discriminant analysis (LDA). (D) Classification reached full
accuracy when we classified the averages over the four trials from each
subject, instead of individual trials.
allow the assessment of patients with disorders of consciousness,
a task that currently poses major challenges (Giacino et al.,
2002; Laureys et al., 2004; Schiﬀ, 2010; Goldﬁne et al., 2011).
Determining the cortical response to the beat of music could
inform physicians about a patient’s ability to comprehend music
as well as to attend to it, and thus help to assess high-level
cognitive functions. Because we have demonstrated that the brain
responds to the beat of naturalistically presented music, such
an assessment would yield a promising passive screening of
brain-injured patients.
An important question remains regarding the origin of the
cortical response to the beat. Because we employed tunes with
a note at every beat, the beat frequency was prominent both
in the stimulus and in its envelope. The cortical response that
we measured might accordingly represent a frequency-following
response to this feature. Because cortical oscillations exist
within the theta frequency band around the beat frequency, the
response might alternatively represent the entrainment of these
endogenous oscillations to the stimulus. The latter mechanism
would resemble cortical oscillations in the alpha range driven by
visual stimuli (Kim et al., 2006; Mathewson et al., 2012; Spaak
et al., 2014). Further experiments are needed to examine these
potential mechanisms in the cortical response to the beat.
The frontal and central EEG channels responded most
prominently to the rhythmic musical beats. In the ﬁrst
experiment we found that the right frontal channels can best
diﬀerentiate responses to familiar musical pieces from their
scrambled, non-sensical versions. The corresponding cortical
area has previously been found to be involved in the processing
of the pulse, beat, and rhythm of music as well as the recognition
of music (Schmidt and Trainor, 2001; Tsang et al., 2001;
Hallam et al., 2008; Grahn, 2012). In the second experiment
we determined that the frontal, temporal, and central channels
provide the most information on attention. These results accord
with demonstrations that the prefrontal and temporal cortex
contributes to auditory attention (Loui et al., 2005; Fritz et al.,
2007).
It is instructive to compare the present results with similar
studies on speech comprehension and attention to speech. The
cortical delta- and theta-band oscillations entrain to the envelope
of a speech signal (Horton et al., 2013; Peelle et al., 2013; Ding
and Simon, 2014). The entrainment is stronger for intelligible
than for unintelligible speech (Peelle et al., 2013; Ding et al.,
2014) and is larger for an attended than for an unattended
speech signal (Horton et al., 2013). The beat frequency of 6 Hz
that we have employed here falls into the theta frequency band
of neural oscillations. The cortical response to this rhythmical
feature therefore resembles that of a speech envelope. Unlike the
entrainment to speech, however, the cortical response to musical
beat is smaller for a familiar tune than for a random melody.
As with speech, we found that the neural response to the beat
was enhanced with attention. It will be interesting to investigate
how these similarities and diﬀerences in the processing of
speech and music arise and what they signify (Zatorre et al.,
2002).
The phase of the cortical response at the beat frequency might
hold important information as well.We have found that the phase
was approximately 3.5 radians and remained constant over the
diﬀerent brain areas. This phase corresponds to a time delay of
about 94 ms. The entrainment of neural oscillations to a speech
envelope also occurs at a comparable latency of around 100 ms
(Ding and Simon, 2012; Horton et al., 2013; Ding et al., 2014).
This coincidence again suggests commonalities in the cortical
response to and processing of complex auditory stimuli.
Further studies are required to understand how music
cognition shapes the response to the beat. For music
comprehension in particular we have compared the EEG
responses to familiar musical tunes to those of unfamiliar,
non-sensical pieces. The observed diﬀerences in the cortical
responses might originate from the familiarity vs. unfamiliarity
of the music, from the diﬀerent structures of the tunes from
Western music vs. their scrambled versions, or from both.
Investigating these issues will further our understanding of the
fascinating interplay between the structure of music and its
neural processing.
Author Contributions
BM, CR, CB, NS, AH, and TR contributed to the design of
the work, the acquisition of the data as well as its analysis and
interpretation, drafted and revised the manuscript, approved the
manuscript for publication, and agree to be accountable for all
aspects of this work.
Frontiers in Human Neuroscience | www.frontiersin.org 9 August 2015 | Volume 9 | Article 436
Meltzer et al. Cortical response to music
Acknowledgments
This research was supported by a Skye International Foundation
Trust Award and Oppenheimer Memorial Trust Award 19856/01
to BM, by a National Science Foundation Graduate Research
Fellowship to CR, by EPSRC grant EP/M026728/1 to TR and by
National Institutes of Health T32 pre-doctoral training grant to
CB. AH is an Investigator of Howard Hughes Medical Institute.
References
Ayotte, J., Peretz, I., and Hyde, K. (2002). Congenital amusia: a group study
of adults aﬄicted with a music-speciﬁc disorder. Brain 125, 238–251. doi:
10.1093/brain/awf028
Bear, M. F., Connors, B.W., and Paradiso, M. A. (2007).Neuroscience. Philadelphia,
PA: Lippincott Williams &Wilkins.
Beauchemin, M., De Beaumont, L., Vannasing, P., Turcotte, A., Arcand, C.,
Belin, P., et al. (2006). Electrophysiological markers of voice familiarity. Eur.
J. Neurosci. 23, 3081–3086. doi: 10.1111/j.1460-9568.2006.04856.x
Bidet-Caulet, A., Fischer, C., Besle, J., Aguera, P.-E., Giard, M.-H., and Bertrand, O.
(2007). Eﬀects of selective attention on the electrophysiological representation
of concurrent sounds in the human auditory cortex. J. Neurosci. 27, 9252–9261.
doi: 10.1523/JNEUROSCI.1402-07.2007
Bonato, P. (2003). Wearable sensors/systems and their impact on
biomedical engineering. IEEE Eng. Med. Biol. Mag. 22, 18–20. doi:
10.1109/MEMB.2003.1213622
Brattico, E., Näätänen, R., and Tervaniemi, M. (2001). Context eﬀects on
pitch perception in musicians and nonmusicians: evidence from event-
related-potential recordings. Music Perc. 19, 199–222. doi: 10.1525/mp.2001.
19.2.199
Casson, A. J., Smith, S., Duncan, J. S., and Rodriguez-Villegas, E. (2008). Wearable
EEG: what is it, why is it needed and what does it entail? Eng. Med. Biol. Soc.
2008, 5867–5870. doi: 10.1109/iembs.2008.4650549
Cong, F., Alluri, V., Nandi, A. K., Toiviainen, P., Fa, R., Abu-Jamous, B., et al.
(2013). Linking brain responses to naturalistic music through analysis of
ongoing EEG and stimulus features. IEEE Trans. Multim. 15, 1060–1069. doi:
10.1109/TMM.2013.2253452
de Jong, R., Toﬀanin, P., and Harbers, M. (2010). Dynamic crossmodal links
revealed by steady-state responses in auditory–visual divided attention. Int. J.
Psychophysiol. 75, 3–15. doi: 10.1016/j.ijpsycho.2009.09.013
Delorme, A., and Makeig, S. (2004). EEGLAB: an open source toolbox for analysis
of single-trial EEG dynamics including independent component analysis.
J. Neurosci. Meth. 134, 9–21. doi: 10.1016/j.jneumeth.2003.10.009
Deng, S., and Srinivasan, R. (2010). Semantic and acoustic analysis of speech by
functional networks with distinct time scales. Brain Res. 1346, 132–144. doi:
10.1016/j.brainres.2010.05.027
Ding, N., Chatterjee, M., and Simon, J. Z. (2014). Robust cortical entrainment to
the speech envelope relies on the spectro-temporal ﬁne structure. Neuroimage
88, 41–46. doi: 10.1016/j.neuroimage.2013.10.054
Ding, N., and Simon, J. Z. (2012). Emergence of neural encoding of auditory
objects while listening to competing speakers. Proc. Natl. Acad. Sci. U.S.A. 109,
11854–11859. doi: 10.1073/pnas.1205381109
Ding, N., and Simon, J. Z. (2014). Cortical entrainment to continuous speech:
functional roles and interpretations. Front. Hum. Neurosci. 8:311. doi:
10.3389/fnhum.2014.00311
Friederici, A. D. (2002). Towards a neural basis of auditory sentence processing.
Trends Cogn. Sci. 6, 78–84. doi: 10.1016/S1364-6613(00)01839-8
Fritz, J. B., Elhilali, M., David, S. V., and Shamma, S. A. (2007). Auditory
attention—focusing the searchlight on sound. Curr. Opin. Neurobiol. 17,
437–455. doi: 10.1016/j.conb.2007.07.011
Gander, P., Bosnyak, D., and Roberts, L. (2010). Evidence for modality-speciﬁc
but not frequency-speciﬁc modulation of human primary auditory cortex by
attention. Hear. Res. 268, 213–226. doi: 10.1016/j.heares.2010.06.003
Giacino, J. T., Ashwal, S., Childs, N., Cranford, R., Jennett, B., Katz, D. I.,
et al. (2002). The minimally conscious state deﬁnition and diagnostic criteria.
Neurology 58, 349–353. doi: 10.1212/WNL.58.3.349
Goldﬁne, A. M., Victor, J. D., Conte, M. M., Bardin, J. C., and Schiﬀ, N. D.
(2011). Determination of awareness in patients with severe brain injury
using EEG power spectral analysis. Clin. Neurophysiol. 122, 2157–2168. doi:
10.1016/j.clinph.2011.03.022
Gordon-Salant, S., and Fitzgibbons, P. J. (1993). Temporal factors and speech
recognition performance in young and elderly listeners. J. Speech Lang. Hear.
Res. 36, 1276–1285. doi: 10.1044/jshr.3606.1276
Grahn, J. A. (2012). Neural mechanisms of rhythm perception: current ﬁndings
and future perspectives. Top. Cogn. Sci. 4, 585–606. doi: 10.1111/j.1756-
8765.2012.01213.x
Hall, J. W. III. (2007). New Handbook of Auditory Evoked Responses. Boston, MA:
ASHA.
Hallam, S., Cross, I., and Thaut, M. (2008). Oxford Handbook of Music Psychology.
Oxford: Oxford University Press.
Henry, M. J., and Mcauley, J. D. (2010). On the prevalence of congenital amusia.
Music Percept. Interdiscip. J. 27, 413–417. doi: 10.1525/mp.2010.27.5.413
Horton, C., D’zmura, M., and Srinivasan, R. (2013). Suppression of competing
speech through entrainment of cortical oscillations. J. Neurophysiol. 109,
3082–3093. doi: 10.1152/jn.01026.2012
Jacobsen, T., Schröger, E., Winkler, I., and Horváth, J. (2005). Familiarity aﬀects
the processing of task-irrelevant auditory deviance. J. Cogn. Neurosci. 17,
1704–1713. doi: 10.1162/089892905774589262
Juslin, P. N., and Laukka, P. (2003). Communication of emotions in vocal
expression and music performance: diﬀerent channels, same code? Psych. Bull.
129, 770–814. doi: 10.1037/0033-2909.129.5.770
Justus, T. C., and Bharucha, J. J. (2002). “Music perception and cognition,” in
Stevens’ Handbook of Experimental Psychology, 3rd Edn, eds S. Yantis and
H. Pashler (New York, NY: Wiley), 453–492.
Kim, Y. J., Grabowecky, M., Paller, K. A., Muthu, K., and Suzuki, S. (2006).
Attention induces synchronization-based response gain in steady-state visual
evoked potentials. Nat. Neurosci. 10, 117–125.
Koelsch, S. (2005). Neural substrates of processing syntax and semantics in music.
Curr. Opin. Neurobiol. 15, 207–212. doi: 10.1016/j.conb.2005.03.005
Koelsch, S., Fritz, T., Schulze, K., Alsop, D., and Schlaug, G. (2005). Adults and
children processing music: an fMRI study. Neuroimage 25, 1068–1076. doi:
10.1016/j.neuroimage.2004.12.050
Koelsch, S., Gunter, T. C., Cramon, D. Y. V., Zysset, S., Lohmann, G.,
and Friederici, A. D. (2002). Bach speaks: a cortical “language-network”
serves the processing of music. Neuroimage 17, 956–966. doi: 10.1006/nimg.
2002.1154
Koelsch, S., Kasper, E., Sammler, D., Schulze, K., Gunter, T., and Friederici, A. D.
(2004). Music, language and meaning: brain signatures of semantic processing.
Nat. Neurosci. 7, 302–307. doi: 10.1038/nn1197
Krumhansl, C. L. (2000). Rhythm and pitch in music cognition. Psych. Bull. 126,
159. doi: 10.1037/0033-2909.126.1.159
Lamminmäki, S., Parkkonen, L., and Hari, R. (2014). Human neuromagnetic
steady-state responses to amplitude-modulated tones, speech, and music. Ear
Hear. 35, 461–467. doi: 10.1097/AUD.0000000000000033
Large, E. W. (2008). “Resonating to musical rhythm: theory and experiment,” in
The Psychology of Time, ed. S. Grondin (Bingley: Emerald), 189–232.
Laureys, S., Owen, A. M., and Schiﬀ, N. D. (2004). Brain function in coma,
vegetative state, and related disorders. Lancet Neurol. 3, 537–546. doi:
10.1016/S1474-4422(04)00852-X
Linden, R. D., Picton, T. W., Hamel, G., and Campbell, K. B. (1987).
Human auditory steady-state evoked potentials during selective attention.
Electroencephalogr. Clin. Neurophysiol. 66, 145–159. doi: 10.1016/0013-
4694(87)90184-2
Lotte, F., Congedo, M., Lécuyer, A., Lamarche, F., and Arnaldi, B. (2007). A review
of classiﬁcation algorithms for EEG-based brain–computer interfaces. J. Neur.
Eng. 4, R1–R13. doi: 10.1088/1741-2560/4/2/r01
Loui, P., Torpey, D., and Woldorﬀ, M. (2005). Eﬀects of attention on the neural
processing of harmonic syntax inWesternmusic. Cogn. Brain Res. 25, 678–687.
doi: 10.1016/j.cogbrainres.2005.08.019
Maess, B., Koelsch, S., Gunter, T. C., and Friederici, A. D. (2001). Musical syntax is
processed in Broca’s area: an MEG study. Nat. Neurosci. 4, 540–545.
Frontiers in Human Neuroscience | www.frontiersin.org 10 August 2015 | Volume 9 | Article 436
Meltzer et al. Cortical response to music
Mathewson, K. E., Prudhomme, C., Fabiani, M., Beck, D. M., Lleras, A., and
Gratton, G. (2012). Making waves in the stream of consciousness: entraining
oscillations in EEG alpha and ﬂuctuations in visual awareness with rhythmic
visual stimulation. J. Cogn. Neurosci. 24, 2321–2333. doi: 10.1162/jocn_a_00288
McLachlan, G. (2004). Discriminant Analysis and Statistical Pattern Recognition.
New York, NY: JohnWiley & Sons.
Mitchell, M. (1998). An Introduction to Genetic Algorithms. Cambridge, MA: MIT
press.
Morrison, S. J., Demorest, S. M., Aylward, E. H., Cramer, S. C., and Maravilla,
K. R. (2003). FMRI investigation of cross-cultural music comprehension.
Neuroimage 20, 378–384. doi: 10.1016/S1053-8119(03)00300-8
Müller, N., Schlee, W., Hartmann, T., Lorenz, I., and Weisz, N. (2009). Top-down
modulation of the auditory steady-state response in a task-switch paradigm.
Front. Hum. Neurosci. 3:1. doi: 10.3389/neuro.09.001.2009
Musiek, F. E., and Chermak, G. D. (2009). Diagnosis of (Central) auditory
processing disorder in traumatic brain injury. ASHA Lead. 14, 16–19. doi:
10.1044/leader.FTR3.14152009.16
Näätänen, R., Paavilainen, P., Rinne, T., and Alho, K. (2007). The mismatch
negativity (MMN) in basic research of central auditory processing: a review.
Clin. Neurophysiol. 118, 2544–2590. doi: 10.1016/j.clinph.2007.04.026
Nozaradan, S., Peretz, I., Missal, M., and Mouraux, A. (2011). Tagging the
neuronal entrainment to beat and meter. J. Neurosci. 31, 10234–10240. doi:
10.1523/JNEUROSCI.0411-11.2011
Nozaradan, S., Peretz, I., and Mouraux, A. (2012). Selective neuronal entrainment
to the beat and meter embedded in a musical rhythm. J. Neurosci. 32,
17572–17581. doi: 10.1523/JNEUROSCI.3203-12.2012
Parsons, L. M. (2001). Exploring the functional neuroanatomy of music
performance, perception, and comprehension. Ann. N. Y. Acad. Sci. 930,
211–231. doi: 10.1111/j.1749-6632.2001.tb05735.x
Patel, A. D. (2003). Language, music, syntax and the brain. Nat. Neurosci. 6,
674–681. doi: 10.1038/nn1082
Patel, A. D. (2007). Music, Language, and the Brain. Oxford: Oxford University
Press. doi: 10.1093/acprof:oso/9780195123753.001.0001
Peelle, J. E., Gross, J., and Davis, M. H. (2013). Phase-locked responses to speech
in human auditory cortex are enhanced during comprehension. Cerebr. Cortex
23, 1378–1387. doi: 10.1093/cercor/bhs118
Peretz, I., and Coltheart, M. (2003). Modularity of music processing.Nat. Neurosci.
6, 688–691. doi: 10.1038/nn1083
Power, A. J., Foxe, J. J., Forde, E. J., Reilly, R. B., and Lalor, E. C. (2012). At what
time is the cocktail party? A late locus of selective attention to natural speech.
Eur. J. Neurosci. 35, 1497–1503. doi: 10.1111/j.1460-9568.2012.08060.x
Ross, B., Picton, T., Herdman, A., and Pantev, C. (2004). The eﬀect of attention on
the auditory steady-state response.Neurol. Clin. Neurophysiol. 2004, 22.
Samson, S., Ehrlé, N., and Baulac, M. (2001). Cerebral substrates for musical
temporal processes. Ann. N. Y. Acad. Sci. 930, 166–178. doi: 10.1111/j.1749-
6632.2001.tb05732.x
Saupe, K., Widmann, A., Bendixen, A., Müller, M. M., and Schröger, E. (2009).
Eﬀects of intermodal attention on the auditory steady-state response and
the event-related potential. Psychophysiology 46, 321–327. doi: 10.1111/j.1469-
8986.2008.00765.x
Schiﬀ, N. D. (2010). Recovery of consciousness after brain injury: a mesocircuit
hypothesis. Trends Neurosci. 33, 1–9. doi: 10.1016/j.tins.2009.11.002
Schmidt, L. A., and Trainor, L. J. (2001). Frontal brain electrical activity (EEG)
distinguishes valence and intensity of musical emotions. Cogn. Emot. 15,
487–500. doi: 10.1080/02699930126048
Schuppert,M., Münte, T. F., Wieringa, B. M., and Altenmüller, E. (2000). Receptive
amusia: evidence for cross-hemispheric neural networks underlying music
processing strategies. Brain 123, 546–559. doi: 10.1093/brain/123.3.546
Skosnik, P. D., Krishnan, G. P., and O’donnell, B. F. (2007). The eﬀect of selective
attention on the gamma-band auditory steady-state response. Neurosci. Lett.
420, 223–228. doi: 10.1016/j.neulet.2007.04.072
Spaak, E., De Lange, F. P., and Jensen, O. (2014). Local entrainment of alpha
oscillations by visual stimuli causes cyclic modulation of perception. J. Neurosci.
34, 3536–3544. doi: 10.1523/JNEUROSCI.4385-13.2014
Sturm, I., Blankertz, B., Potes, C., Schalk, G., and Curio, G. (2014). ECoG high
gamma activity reveals distinct cortical representations of lyrics passages,
harmonic and timbre-related changes in a rock song. Front. Hum. Neurosci.
8:798. doi: 10.3389/fnhum.2014.00798
Tiitinen, H., Sinkkonen, J., Reinikainen, K., Alho, K., Lavikainen, J., and
Näätänen, R. (1993). Selective attention enhances the auditory 40-Hz transient
response in humans. Nature 364, 59–60. doi: 10.1038/364059a0
Tillmann, B., Janata, P., and Bharucha, J. J. (2003). Activation of the inferior frontal
cortex in musical priming. Cogn. Brain Res. 16, 145–161. doi: 10.1016/S0926-
6410(02)00245-8
Tsang, C., Trainor, L., Santesso, D., Tasker, S., and Schmidt, L. (2001). Frontal EEG
responses as a function of aﬀective musical features. Ann. N.Y. Acad. Sci. 930,
439–442. doi: 10.1111/j.1749-6632.2001.tb05764.x
Zatorre, R. J., Belin, P., and Penhune, V. B. (2002). Structure and function
of auditory cortex: music and speech. Trends Cogn. Sci. 6, 37–46. doi:
10.1016/S1364-6613(00)01816-7
Zion Golumbic, E. M., Ding, N., Bickel, S., Lakatos, P., Schevon, C. A.,
Mckhann, G. M., et al. (2013). Mechanisms underlying selective neuronal
tracking of attended speech at a “cocktail party.” Neuron 77, 980–991. doi:
10.1016/j.neuron.2012.12.037
Conflict of Interest Statement: The authors declare that the research was
conducted in the absence of any commercial or ﬁnancial relationships that could
be construed as a potential conﬂict of interest.
Copyright © 2015 Meltzer, Reichenbach, Braiman, Schiﬀ, Hudspeth and
Reichenbach. This is an open-access article distributed under the terms of
the Creative Commons Attribution License (CC BY). The use, distribution or
reproduction in other forums is permitted, provided the original author(s) or licensor
are credited and that the original publication in this journal is cited, in accordance
with accepted academic practice. No use, distribution or reproduction is permitted
which does not comply with these terms.
Frontiers in Human Neuroscience | www.frontiersin.org 11 August 2015 | Volume 9 | Article 436
